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ABSTRACT 
Creativity is a sine qua non ability for almost all aspects of everyday life. Although very 
profound behavioural models were provided by 21th century psychologists, the neural 
correlates of these personality features associated with creativity are largely unknown. 
Recent models suggest strong relationships between dopamine release and various creative 
skills. Herein, we employed functional connectivity analyses of resting-state functional 
magnetic imaging data in order to shed light on these neural underpinnings of creative 
aspects. For improved sensitivity, we performed the study at ultra-high magnetic field (7 
Tesla). Seed regions were defined based on subcortical (ventral tegmental area/substantia 
nigra, nucleus caudatus) activation foci of a remote associates task (RAT). In addition, 
bilateral PCC was used as seed region to examine the default-mode network. Network 
strength across subjects was regressed against a battery of psychological variables related 
to creativity. Dopaminergic network variations turned out to be indicative for individual 
differences in creative traits. In this regard, the caudate network showed stronger 
connectivity in individuals with higher extraversion measures, while connectivity with the 
midbrain network was found increased with higher ideational behaviour and emotional 
stability. 
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INTRODUCTION 
Individual and societal progress is heavily reliant on our ability to generate novel and useful 
ideas. As such, creativity is a feature sine qua non for many aspects of everyday life. There 
are primarily two influential psychological approaches to the essential traits of the creative 
personality. First, Csikszentmihalyi (1996) described ten paradoxical personality traits of 
highly creative people such as being introverted and extraverted at the same time. Second, 
in their investment model of creativity, Lubart and Sternberg (1995) listed some essential 
characteristics to develop a person’s creative potential. Among these are intellectual skills, 
such as problem definition and insightful thinking, a legislative thinking style driving the 
production of novel ideas, as well as intrinsic motivation. Furthermore, recent behavioural 
studies have proposed a variety of complementary personality traits linked to creative 
individuals, e.g., “norm doubting, ambition, impulsivity, willingness to take risks, autonomy, 
imagination, hostility, curiosity, self-confidence” (see Abler et al. (2006); Li et al. (2015)), self-
efficacy (Prabhu et al., 2008) and versatility (Cassandro and Simonton, 2010).  
This manifold of psychological theories shows the ample complexity of the concept 
“creativity”. However, the idea that many creative traits arise from dopamine-coupled brain 
areas has been developing since creativity research first caught the interest of researchers 
(Heilman et al., 2003). Multilevel evidence on the dopaminergic relations to creativity is 
available reaching from the anecdotic point of view that genius and madness are closely 
related to each other (Andreasen, 1997), over evidence from altered creative performance in 
neuropsychiatric disorders as Parkinson’s disease (FaustSocher et al., 2014; Lhommée et 
al., 2014), Schizophrenia (Acar et al., 2018) or bipolar disorder (Power et al., 2015) to 
behavioural experiments with eye blink rates as a proxy for dopaminergic activity in divergent 
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thinking experiments (Chermahini and Hommel, 2010; Salvi et al., 2015) and studies linking 
dopamine-level driven sensation seeking to creativity (Bardo et al., 1996). 
Topical literature draws attention to new biology-grounded theories of creative behaviour that 
base creative components on subcortical structures. Boot et al. (2017) suggest multiple 
creative traits, as flexible cognition and the convergence of remote associations, to be 
strongly based on fronto-striatal dopaminergic pathways. Beyond that, several studies have 
linked dopaminergic gene loci to creative behaviour (De Manzano et al., 2010; Mayseless et 
al., 2013; Reuter et al., 2006; Runco et al., 2011; Zabelina et al., 2016), thus indicating a 
profound link between dopamine variation and creativity. In summary, while there are 
numerous indicators towards a relationship between creative traits and dopaminergic 
pathways available, evidence of the neural underpinnings of these traits is still sparse. 
Neuroimaging methods have shown their potential for examining biological processes 
associated with creative traits, in particular to disentangle the neural dopaminergic core 
components that might underlie creativity aspects. In this respect Takeuchi et al. (2010) 
showed that grey matter varies in brain areas, which are part of the dopaminergic system, 
depending on creativity measures: Increased regional grey matter volumes in the midbrain 
and caudate nucleus were significantly correlated to divergent thinking performance. This 
finding is further supported on a functional level (Tik et al., 2018) by a study demonstrating 
recruitment of structures such as nucleus accumbens (NAcc), ventral tegmental area (VTA) 
and dorsolateral prefrontal cortex (DLPFC) areas, which belong to the dopaminergic system 
during insightful problem solving. In a very recent publication by Beaty et al. (2018) two brain 
states could be identified that were either predictive for high or low creativity. While the high-
creativity network included frontal-parietal connections, the low creativity network was 
characterized by temporal-parietal connectivity. The low-creativity network included a variety 
of subcortical nodes, which is in contrast to the former results summarized above (Takeuchi 
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et al., 2010; Tik et al., 2018). In this respect, another recent study could identify a stronger 
top-down compared to a bottom-up effect in creativity, with more subcortical areas involved 
in networks that were negatively correlated to figurative creativity (Liu et al., 2018). However, 
in both studies subcortical nodes were also included in the highly creative state. 
Insight by itself is the unifying entity that integrates creative processes. It is described as a 
moment of combining old information in an original manner in order to create an important 
idea, which is novel to the individual (Sternberg and Davidson, 1995). This insight goes along 
with strong positive affect and an improved memory formation for the novel idea that 
emerged from it, which links it phenomenologically to increased dopamine release (Kizilirmak 
et al., 2016; Milivojevic et al., 2015; Shen et al., 2016; Topolinski and Reber, 2010; Webb et 
al., 2017). 
Taking these multilevel observations into account we aimed at linking a broad range of 
behavioural concepts associated with creativity to their neural anchoring, especially 
subcortical areas that are part of the dopamine system. We chose a variety of behavioural 
measures that have been linked to the core of the creative personality for a long time but – 
despite the flood of psychological studies concerned with creative personality traits – have 
never been empirically integrated into an overall concept. In this study, we employed: (1) the 
Ten Items Personality Inventory (Gosling et al., 2003), which includes the Big-Five factors 
extraversion, emotional stability, agreeableness, openness and conscientiousness, of which 
extraversion and openness have been associated with exploratory behaviour and increased 
dopamine release in the ventral tegmental area (Ashby et al., 1999; Depue and Collins, 
1999b; Panksepp, 1999), being considered a good predictor of creativity (Batey and Hughes, 
2017; Hughes et al., 2013; Peterson et al., 2002). Furthermore, Big-Five personality traits, 
especially openness and extraversion have been directly linked to creative behaviour, 
especially novelty seeking (Agnoli et al., 2016; Csikszentmihalyi, 1996; De Fruyt et al., 2000; 
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Fürst and Grin, 2018; Gocłowska et al., 2018; Halder et al., 2017; Nakaya et al., 2006; Singh 
and Kaushik, 2015b; Strobel et al., 1999; Welsh, 1975). (2) The Mindset Questionnaire by 
Dweck et al. (1995b) in order to measure the individual’s motivation on being creative, (3) the 
Runco Ideational Behaviour Scale (Runco et al., 2001), which is the most important scale for 
measuring day-to-day creativity. 
Since we were interested in how these behavioural scales relate to insight-related activation 
in subcortical areas within the dopaminergic system, we calculated functional connectivity 
maps based on seed-regions in the midbrain derived from a 7T study on creative problem 
solving (Tik et al., 2018). In addition, the default-mode network (DMN) was examined as it 
has been linked to creativity in a number of previous studies (Beaty et al., 2014; Takeuchi et 
al., 2011). We tested for modulations in these networks depending on differences in creative 
personality traits. We thereby aimed at drawing a comprehensive picture on personality traits 
associated with brain structures of the dopaminergic system involved in insight and creativity. 
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PARTICIPANTS AND METHODS 
Study population 
This manuscript comprises resting-state data pooled over two separate 7T studies on 
creativity. In total, 43 healthy, right-handed volunteers (22 female, mean age: 26.34 ± 3.08 
(SD) years) took part in this study. Participants were recruited via flyers and online platforms. 
Standard MRI exclusion criteria were applied, which included neurological or psychiatric 
abnormalities, claustrophobia, use or abuse of psychotropic substances, presence of metallic 
objects on or inside the body that could not be removed before the measurement, implants 
such as pacemakers, and pregnancy. The study protocol was approved by the local ethics 
committee of the Medical University of Vienna, Austria. All participants provided informed 
written consent and received financial reimbursement. The study was performed in 
accordance with the Declaration of Helsinki (1964), including current revisions, the Austrian 
Medical Devices Act, and the EC-GCP guidelines. 
Resting-state fMRI Data Acquisition 
Functional MRI scans were acquired on a MAGNETOM 7 Tesla whole-body MR scanner 
(Siemens Medical, Erlangen, Germany) at the MR Centre of Excellence, Medical University 
of Vienna. For resting-state data acquisition a 32-channel head coil (Nova Medical, USA) 
was used with the CMRR multiband (Moeller et al., 2010) EPI sequence (5 min, TR=1.4 s, 
TE=23 ms, 78 slices, voxel size: 1.5×1.5×1mm3). Note that using such small voxel sizes 
increases fMRI sensitivity in ventral brain areas as signal losses from intra-voxel dephasing 
effects due to the presence of field inhomogeneity are strongly reduced (Robinson et al., 
2004; Sladky et al., 2018; Windischberger et al., 2004). Participants were instructed to relax, 
think of nothing in particular and let their mind wander while visually fixating on a cross that 
was presented via a digital projector connected to a computer and a mirror. 
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Stimuli were shown via a video projector on a screen mounted at the rear scanner bore. A 
mirror was used to allow subjects to view the stimuli. 
Remote Associates Task and Seed Voxel Extraction 
In addition to resting-state data, the RAT paradigm was administered in 29 subjects. 
Sequence parameters for the RAT runs were identical to the resting-state acquisitions. The 
exact experimental procedure is described in Tik et al. (2018). In short, participants 
performed a German Version of the RAT, a common task known to trigger divergent and 
convergent thinking (Mednick, 1962; Mednick and Mednick, 1967) and finally the Aha!-
moment. Subjects were instructed to find a target word associated with presented word 
triplets and pressed a button at the moment they felt confident about their solution. If they 
failed to find the answer within 20s, they were presented with a hint (i.e. first letter of the 
correct solution). If they were still unable to find the solution to the problem within 10s they 
were shown the correct solution. Finally, when solved they had to select the last letter of the 
correct solution choosing from three letters and one “other” option. After each trial they had 
to rate whether they experienced a moment of insight, as well as their level of impasse, on a 
six-point Likert-like scale. The task consisted of four runs with twelve trials per run. Subjects 
solved 58% (SD=49%) of the items. 71% of the subjects’ solutions conformed to the 
predefined solutions. 
For this study, we used the previous RAT results solely for defining seed regions. This was 
performed by mean splitting based on individual insight ratings for each run per subject and 
weighted for high-insights at the event of insight (button press). Figure 1 shows the according 
group-level activation map for high-insight events. Activation increases in the bilateral inferior 
frontal cortices, insular cortices, dorsomedial prefrontal cortices, precuneus, ventral 
tegmental area, hippocampus, striatum and thalamus can be seen. 
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These seeds, therefore, corresponded to subcortical regions of the dopaminergic system 
with heightened BOLD activity when participants subjectively experienced insight, while 
solving a task item. The statistical threshold used for delineating seed regions for this study 
was set to p<0.00001, FWE-corrected. We chose such a strict threshold in order to extract 
clear-cut unilateral clusters from the areas of interest, namely left midbrain including ventral 
tegmental area and substantia nigra (VTA/SN) and nucleus caudatus (NC). To investigate for 
potential DMN contributions we additionally defined the bilateral posterior cingulate cortex 
(PCC) as seed region, based on an anatomy based bilateral seed-voxel (6mm spheres at 5 -
52 -30 and -5 -52 -30). 
Behavioural Data 
Outside the scanner, the following self-report questionnaires were administered: (i) Ten Item 
Personality Inventory (TIPI; Gosling et al. (2003)), (ii) Dweck’s Mindset Questionnaire 
(Dweck et al., 1995b), and (iii) Runco’s Ideational Behavior Scale (RIBS; Runco et al. (2001). 
TIPI is a very brief measure of the Big-Five personality traits: conscientiousness, openness, 
extraversion, agreeableness and emotional stability (Gosling et al., 2003). Dweck’s Mindset 
Questionnaire (Dweck et al., 1995a) is a scale to assess a person’s mindset, growth vs. 
fixed, and therefore motivation, about the malleability of intelligence, morality and world 
outlook. Thus, an incremental mindset herein refers to the belief that individual traits and 
abilities are not fixed and in fact one could grow their skills through sheer hard work and 
determination. On the other hand, a fixed mindset refers to the belief that one's potential is 
set and cannot be changed.  
fMRI RS Data Processing 
As a first step, RS data were despiked using AFNI (http://afni.nimh.nih.gov/afni). It has been 
shown that slice-timing correction (temporal sinc-interpolation of the MR signal with respect 
to slice acquisition times) can successfully adjust time shift between the acquisitions of the 
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different slices and, therefore, increases the preciseness of the data analysis (Sladky et al., 
2011). This step is implemented in our preprocessing pipeline using FSL 5 (FMRIB Software 
Library, Analysis Group, FMRIB, Oxford, http://fsl.fmrib.ox.ac.uk). Data was then bias-field 
corrected using ANTs (http://stnava.github.io/ANTs), realigned using FSL 5, and normalized 
to standard MNI space using ANTs in combination with a custom scanner-specific EPI-
template, resulting in a 1.5 mm3 isotropic resolution and finally smoothed with a 6mm FWHM 
Gaussian kernel using FSL 5. Post-processing was carried out using in-house applications, 
which are mostly based on the GNU Scientific Library (http://www.gnu.org/software/gsl) and 
comprised the following steps: (1) regressing out the cerebrospinal fluid and white matter 
signal to reduce physiological artefacts using the first 5 components of a temporal PCA and 
their mean for both regions; (2) FFT-based band-pass filtering in the frequency range of 
0.009-0.08 Hz; (3) motion-scrubbing according to Power et al. (2012). In order to model the 
subcortical underpinnings of creativity – in particular insight-related networks – we chose the 
two activation maxima in subcortical areas from the dopamine system from the RAT 
functional localizer task: VTA/SN and NC (MNI coordinates -5 -28 -9 and -12 20 0, 
respectively). We also employed one anatomical seed region in the PCC to examine the 
DMN. As such, seed voxel correlation was performed for left VTA/SN, left NC and bilateral 
posterior cingulate cortex (PCC) resulting in three functional connectivity maps for every 
subject. Finally, cross-correlation coefficients were converted to z-scores using Fisher’s z-
transformation. An overview of the data processing pipeline is shown in Figure 2. 
Behavioural Data Analysis 
To gain additional information about the psychological structure of our subjects we performed 
correlation analyses between the different behavioural variables per se. We tested for normal 
distribution using exact Kolmogorov-Smirnov tests and subsequently performed two-tailed 
Pearson correlation analyses. 
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Regression Analysis between RS Functional Connectivity and Behavioural Data 
Functional connectivity maps for each seed region were regressed across subjects (second 
level) as implemented in SPM12 against the following questionnaire measures: incremental 
mindset (Dweck), ideational behaviour (RIBS), and the five TIPI variables extraversion, 
emotional stability, agreeableness, openness and conscientiousness.  
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RESULTS 
Behavioural Data 
Performing exact Kolmogorov-Smirnov Test revealed that all behavioral variables could be 
approximated by normal distributions. In order to get deeper insights into our sample, we 
performed additional correlation analyses between behavioral variables. The variable 
openness correlated significantly with ideational behaviour (r43=.49, p=.001) and incremental 
mindset (r43=.501, p=.001). The personality trait extraversion did significantly correlate with 
conscientiousness (r43=.337, p=.027), emotional stability (r43=.307, p=.045) and ideational 
behavior (r43=.396, p=.009). Additionally, conscientiousness correlated with agreeableness 
(r43=.327, p=.032).  
Resting State Networks 
Figure 3 shows the three resting-state networks examined within this study. The network 
calculated from the caudate nucleus seed included bilateral basal ganglia, thalamus, anterior 
and posterior cingulate cortex, bilateral insula and hippocampus, dorso-medial prefrontal 
cortex and middle temporal lobes. VTA/SN network comprised bilateral VTA/SN, caudate, 
putamen, globus pallidus, insula, hippocampus, thalamus, as well as left inferior parietal 
cortex. The default-mode network consisted of the bilateral inferior parietal cortex, 
precuneus, anterior and posterior cingulate cortex as well as bilateral caudate, hippocampus 
and temporal lobe. 
Regression Analysis of Creativity Measures on Functional Networks 
Regressing the three networks (NC, VTA/SN and DMN) against our behavioural data we 
found that extraversion modulated NC network connectivity, while RIBS and emotional 
stability modulated the VTA/SN network. The variables agreeableness, openness and 
conscientiousness, as well as the incremental mindset did not result in statistically significant 
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modulations of the target networks. Furthermore, the default mode network was not found to 
be modulated by any of our variables of interest. 
Higher extraversion scores (TIPI) were associated with increased connectivity of the bilateral 
putamina to the NC network (r=.601, p<.0001, Figure 4, left putamen peak: -36 -13 -10, 
p<.010, k=508, right putamen peak: 24 -1 -8, p<.018, k=443). Participants with higher 
ideational behaviour (RIBS) showed increased connectivity within the VTA/SN-network 
(r=.631, p<.0001, Figure 5, VTA/SN peak: 3 -18 -4, p=.001, k=813). Finally, increased 
measures of emotional stability were correlated with increased VTA/SN connectivity to 
putamen and PFC (r=.653, p<.0001, Figure 6, right putamen peak: 18 12 -10, p<.0001, 
k=1467, left putamen peak: -15 8 -10, p<.0001, k=1783, right midbrain peak: 6 -10 -10, 
p=.001, k=819, right lateral PFC peak: 42 22 53, p<.0001, k=2208, right caudate head peak: 
18 2 20, p<.0001, k=1440, left putamen peak: -12 -13 -6, p=.045, k=391, left dorsal PFC 
peak: -15 4 62, p<.046, k=389, right orbital PFC: 28 65 -1, p=.040, k=403). 
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DISCUSSION 
In this study we used ultra-high field fMRI to test for variations in brain network structures 
with individual markers for creative behaviour, attitude and personality. In order to ensure 
functional specificity of the networks examined, two of these networks were defined based on 
the neural substrate recruited during a creative problem-solving task. In addition, the DMN 
effects were also assessed as this network is implicated in a number of creativity-related 
processes. 
Herein, we show that insight-related resting-state networks originating from subcortical areas 
of the dopaminergic system are modulated by Big-Five personality traits and ideational 
behaviour. Extraversion was coupled with increased connectivity to the left caudate and 
emotional stability and ideational behavior were linked to connectivity from VTA/SN.  
In more detail: (1) extraversion is linked to bilateral posterior putamen connectivity, (2) 
ideational behaviour to local VTA/SN connectivity and (3) emotional stability is associated 
with modulations in cortical (e.g. DLPFC) and subcortical (mainly basal ganglia) VTA/SN 
connectivity.  
The personality traits agreeableness, openness and conscientiousness, as well as 
incremental mindset as a marker for motivation were not associated with the networks 
investigated (NC, VTA/SN, DMN).  
The Big-Five personality traits extraversion and openness have traditionally been linked to 
creativity (Batey et al., 2010; Hughes et al., 2013; Singh and Kaushik, 2015b). However, 
neuroticism (negative pole of emotional stability) has also been linked to creativity since 
elevated neuroticism is considered a fruitful source of rumination and problem generation 
(Perkins et al., 2015). In order to assess the Big-Five personality traits, we employed the Ten 
Item Personality Inventory (TIPI) and linked it to putative brain networks associated with 
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creativity and/or the dopamine system. In this respect, we found extraversion to modulate the 
NC network and emotional stability to explain differences in VTA/SN network connectivity. 
Higher extraversion scores were found to be correlated with increased connectivity between 
the NC network and bilateral putamina. The putamen has generally been associated with 
behavioural inhibition (Sweitzer et al., 2018; Thames et al., 2012). In a recent metaanalysis 
Shen et al. (2018) found the bilateral putamina to be associated with spontaneous insight 
solutions. The putamen was, furthermore, found to have a high density of D2 receptors 
(Willeit et al., 2016). The Big-Five personality trait extraversion for its part has previously 
been associated with stronger dopamine release in the VTA, a midbrain structure crucially 
involved in dopamine release and therefore associated with increased exploratory behaviour, 
positive affect and creativity (Ashby et al., 1999; De Fruyt et al., 2000; Depue and Collins, 
1999b; Goldberg, 1992; Panksepp, 1999; Peterson et al., 2002; Politis and Houtz, 2015; 
Tellegen, 1985). 
On a behavioural level our finding underlines the psychological model of the paradoxical 
traits by Csikszentmihalyi (1996) of creative individuals being among others introverted and 
extraverted at the same time. This is since our results show that the extraversion component 
is simultaneously associated with behavioural control, as reflected in the associated putamen 
connectivity. This idea is further supported by extraversion being correlated with 
conscientiousness in our study sample – a personality trait conventionally found negatively 
correlated to creative behaviour (Batey et al., 2010). Csikszentmihalyi (1996) suggests the 
need of an equilibrium between the extraversion and introversion poles: on the one hand a 
creative person has to be self-sufficient and withdraw themself from the everyday life in order 
to keep the focus to produce something novel and useful, on the other hand they have to 
convince others from their idea in order to be successful. 
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On a neural level, extraversion is here linked to the caudate nucleus as part of the 
dopaminergic system. Boot et al. (2017) suggest moderate dopamine release in the striatum 
to be beneficial for flexibility in cognition, perspective switching and the broadening of the 
attentional focus. Furthermore, the putamina are involved in spontaneous insights (Shen et 
al., 2018). The putamen is moreover associated with behavioural inhibition (Sweitzer et al., 
2018; Thames et al., 2012). Peterson et al. (2002) found an association between 
extraversion and decreased latent inhibition, a gating process that allows ignoring prior 
irrelevant information. The decreased inhibition group also showed increased scores on a 
creative personality scale in their study. Thus, the authors argue that individuals with 
decreased latent inhibition but good cognitive control are more likely to develop their creative 
potential. 
We suggest based on the neuro-behavioural association between extraversion, the basal 
ganglia and insight, that dopaminergic modulation might underlie both, insight and 
extraversion.  
Our second task-derived seed-voxel correlation at the left VTA/SN especially included the 
midbrain, putamen, globus pallidus, nucleus caudatus and thalamus. Subjects showed 
increased connectivity of this network to the putamen, midbrain and lateral PFC depending 
on higher emotional stability scores. To date there is only very little research on the influence 
of emotional stability on creativity. Perkins et al. (2015) suggest an association between 
creativity and neuroticism (emotional stability) based on observations of heightened 
neuroticism scores in creative individuals and the link between psychopathology and 
creativity. Furthermore, one “negative” component of emotional stability, namely volatility was 
found to be related to creative achievements (Clark and DeYoung, 2014). In our case, we 
found a correlation between the positive aspect of this variable, namely high emotional 
stability per se, with VTA/SN network variability. Possibly, emotional stability in creativity 
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serves as an indicator for endurance in dead-end situations, while Perkins et al. (2015) 
suggest high neuroticism levels as origin of creating many problems and ruminating a lot. 
Connectivity disruptions in the lateral PFC have, moreover, been associated with depressive 
symptoms, like anhedonia and distress (Young et al., 2016), supporting the assumption that 
better emotional stability supports the ability to work on a task unhindered by negative 
emotions (compare Perkins et al. (2015)). 
Furthermore, the personality trait emotional stability has been linked to D2 receptors, which 
are prominently represented in the VTA, caudate nucleus and putamen (Suridjan et al., 2012; 
Willeit et al., 2016). A neuro-psychiatric disease traditionally associated with altered 
dopamine release is schizophrenia (Howes et al., 2017). Indeed, schizotypy in creative 
individuals was proposed by some authors (Peterson et al., 2002; Takeuchi et al., 2012). 
They also stress the role of cortical top down regulation of basal ganglia dopamine based 
informational inflow to produce more creative rather than pathologic results.  
In summary, neuroticism might play a beneficial role in problem generation and increased 
attentional focus towards these problems, which is coupled with psychopathology (Perkins et 
al., 2015). On the other hand, a certain amount of cortical top down control is needed to 
maintain motivation and evaluate results as reflected in our emotional stability values being 
coupled with increased cortical-subcortical connectivity. 
Besides the effects of emotional stability on the VTA/SN network, ideational behaviour 
performance increased local midbrain connectivity strength. The RIBS (Runco et al., 2001) is 
a self-report scale that assesses differences in individuals’ recalled tendency to generate 
novel and original ideas. People who describe themselves as having these ideas more often 
show increased functional connectivity between the VTA/SN and mid-brain structures. 
Stronger VTA/SN connectivity of individuals having more ideational thoughts strongly 
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underlines the dopamine theory of creativity (Boot et al., 2017; Lhommée et al., 2014; 
Takeuchi et al., 2012). Even more so, since VTA dopaminergic neurons project to the ventral 
striatum (VS), an area, which is strongly associated with learning, reward processing and the 
Aha!-moment (Tik et al., 2018). We could link this interconnected striatal network to 
extraversion scores as seen above. 
Although all of our neuro-behavioural results hint towards an association between the 
dopaminergic system and behavioural traits involved in creativity, direct dopamine receptor 
imaging methods are needed to investigate the specific association between the 
dopaminergic system and creativity (Boot et al., 2017). 
Similarly to Batey et al. (2010), we found an association between extraversion and openness 
to experiences with ideational behaviour. Extraversion is a personality trait associated with 
positive emotionality and a tendency to experience such emotions and openness is marked 
by originality, curiosity and ingenuity (Gosling et al., 2003). Openness and extraversion were 
both shown to be involved in decreased latent inhibition, a gating process that allows 
ignoring prior irrelevant information, which is proposed as a good originator of developing 
creative ideas (Peterson et al., 2002). 
Even though suggested to be involved in creativity in former studies (Beaty et al., 2014; 
Chen et al., 2016; Takeuchi et al., 2011; Takeuchi et al., 2012; Wei et al., 2014), the DMN 
was not modulated by the behavioural variables included in our study. 
Traditionally, Big-Five’s openness to experience is seen as a predictor for creativity (Batey et 
al., 2010; Jauk et al., 2013). On a behavioural level, we show a clear correlation between 
measures of openness and ideational behaviour and incremental mindset in this study. Li et 
al. (2015) were able to identify a connection between creativity, openness and posterior 
middle temporal gyrus activation. There is also clear evidence of openness playing a 
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modulatory role in the DMN, which is associated with creative idea generation (Beaty et al., 
2016; Smallwood and Schooler, 2015). The absence of findings concerning openness and 
resting-state connectivity might be explained by our network pre-selection that focuses only 
on ROIs activated while performing insight-related tasks, although modulations within the 
default mode might have been expected based on former literature (Beaty et al., 2016). One 
alternative explanation of our negative finding could be that openness to experience does not 
directly influence creativity related neuronal fluctuations, but is a moderating factor for other 
creativity related personality traits. 
On a behavioural level our network-modulating variables extraversion, emotional 
stability and ideational behaviour showed significant correlation with each other. All of these 
three variables are associated with creativity (Agnoli et al., 2016; De Fruyt et al., 2000; Hao 
et al., 2016; Perkins et al., 2015; Singh and Kaushik, 2015a). In particular, links to the 
dopaminergic system have been repeatedly described for extraversion (Cohen et al., 2005; 
Depue and Collins, 1999a; Golimbet et al., 2007; Lhommée et al., 2017; Rammsayer, 1998; 
Wacker et al., 2006) and neuroticism (emotional stability) (Barbato et al., 2012; Canli, 2008; 
Fischer et al., 1997; Tochigi et al., 2006). There is also some evidence for a relationship 
between fluency and dopamine (Murphy et al., 2013). 
Our results indicate that all of the three variables have modulatory effects on brain 
networks linked to dopaminergic pathways. However, openness and an incremental mindset 
might be expected to be associated to the same latent constructs (McCrea, 2000; Myers et 
al., 2016), but our results did not show significant correlations to resting-state networks. This 
finding might be explained by assuming that these variables are bound to only 
subcomponents of dopamine-associated networks. 
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A limitation of this study is the modest sample size of 43 subjects. Limited sample 
sizes are always of concern in studies linking neurobiological features with behavioural data. 
In this study, we address sample size limitations regarding statistical power by performing 
fMRI scanning at ultra-high magnetic field (7 Tesla) where sensitivity is considerably 
increased compared to 3T imaging via higher signal-to-noise ratios in general and higher 
BOLD signal responses (effects sizes) in particular (Sladky et al., 2013; Uğurbil, 2014). 
Nevertheless, conclusions drawn from a limited sample may not always generalise to the 
whole population nor reflect creativity in all facets. Also, individual differences might not be 
captured in a smaller sample, and errors might emerge from the specific measure of 
creativity. 
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CONCLUSION 
This is the first study to examine personality traits of creativity that might be associated with 
the dopaminergic system using 7 Tesla RS fMRI. Using a comprehensive battery of 
behavioural measures we identified brain networks based on the subcortical dopaminergic 
system as a neural substrate related to creativity-based traits, i.e. extraversion, emotional 
stability and ideational behaviour performances. 
 
 
Figure 1. Neural Correlates of Insight. Insightful problem solving associated with a high-
level of insight was coupled with increased activity in the VTA/SN and caudate head (Tik et 
al., 2018). 
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Figure 2. Preprocessing & First Level analysis of RS data. Resting-state data was de-
spiked using AFNI, slice-timing corrected using FSL 5, bias-field corrected using ANTs, 
realigned using FSL 5, normalized to standard symmetric MNI space using ANTs in 
combination with a custom scanner-specific EPI-template, smoothed with a 6mm FWHM 
Gaussian kernel using FSL 5. Furthermore, the following steps were conducted using in-
house applications: (a) CSF and WM signal was regressed out to reduce physiological 
artifacts, (b) FFT-based band-pass filtering in the frequency range of 0.009-0.08 Hz; (c) 
motion-scrubbing; and (d) seed voxel correlation using the mean time course of the seeds 
(based on task activation from (Tik et al., 2018)). Finally, the cross-correlation coefficients 
were converted to z-scores using Fisher's z-transformation. 
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Figure 3. Networks of Interest. Seed-voxel correlation resulted in one caudate nucleus, one 
VTA/SN and the default mode network. In detail: (1) the left caudate network comprised the 
bilateral basal ganglia, thalamus, anterior and posterior cingulate cortex, bilateral insula and 
hippocampus, dorso-medial prefrontal cortex and middle temporal lobes. (2) The VTA/SN-
network consisted of the bilateral basal ganglia, thalamus anterior and posterior cingulate 
cortex, bilateral insula and hippocampus as well as left inferior parietal lobule. (3) The default 
mode network consisted of the bilateral anterior and posterior cingulate cortex, caudate 
nucleus, hippocampus and inferior parietal lobule and precuneus. 
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Figure 4. Altered Putamina Connectivity in the Caudate Network by Extraversion. For 
subjects with an increased extraversion level there is increased connectivity between the 
bilateral putamina (hot colours) and the NC seed-based (blue) network. 
Figure 5. Midbrain Connectivity in the VTA/SN Network by Ideational Behaviour. For 
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subjects with an increased ideational behaviour there is increased connectivity between the 
midbrain (hot colours) and the VTA/SN seed-based (blue) network. 
Figure 6. Altered Pallidal-Prefrontal Connectivity in the VTA/SN Network by Emotional 
Stability. For subjects with an increased emotional stability level there is increased 
connectivity between the pallidum (hot colours), lateral PFC and the VTA/SN seed-based 
(blue) network. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
26/32 
 
ACKNOWLEDGEMENTS 
Disclosure and Conflict of Interest 
This research is supported by the CREAM project that has been funded by the European 
Commission under Grant Agreement no 612022 (FP7 ICT 2013-10). This publication reflects 
the views only of the authors, and the European Commission cannot be held responsible for 
any use that may be made of the information contained therein. The authors declare that the 
research was conducted in the absence of any commercial or financial relationships that 
could be construed as a potential conflict of interest. 
 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
27/32 
 
REFERENCES 
Abler, B., Walter, H., Erk, S., Kammerer, H., Spitzer, M., 2006. Prediction error as a linear 
function of reward probability is coded in human nucleus accumbens. Neuroimage 31, 790-
795. 
Acar, S., Chen, X., Cayirdag, N., 2018. Schizophrenia and creativity: A meta-analytic review. 
Schizophrenia research 195, 23-31. 
Agnoli, S., Corazza, G.E., Runco, M.A., 2016. Estimating creativity with a multiple-
measurement approach within scientific and artistic domains. Creativity Research Journal 28, 
171-176. 
Andreasen, N.C., 1997. Creativity and mental illness: Prevalence rates in writers and their 
first-degree relatives. Eminent creativity, everyday creativity, and health, 7-18. 
Ashby, F.G., Isen, A.M., Turken, A.U., 1999. A neuropsychological theory of positive affect 
and its influence on cognition. Psychological Review 106, 529-550. 
Barbato, G., della Monica, C., Costanzo, A., De Padova, V., 2012. Dopamine activation in 
Neuroticism as measured by spontaneous eye blink rate. Physiology & behavior 105, 332-
336. 
Bardo, M.T., Donohew, R., Harrington, N.G., 1996. Psychobiology of novelty seeking and 
drug seeking behavior. Behavioural brain research 77, 23-43. 
Batey, M., Chamorro-Premuzic, T., Furnham, A., 2010. Individual differences in ideational 
behavior: can the big five and psychometric intelligence predict creativity scores? Creativity 
Research Journal 22, 90-97. 
Batey, M., Hughes, D.J., 2017. Individual difference correlates of self-perceptions of 
creativity. The Creative Self, 185-218. 
Beaty, R.E., Benedek, M., Wilkins, R.W., Jauk, E., Fink, A., Silvia, P.J., Hodges, D.A., 
Koschutnig, K., Neubauer, A.C., 2014. Creativity and the default network: A functional 
connectivity analysis of the creative brain at rest. Neuropsychologia 64, 92-98. 
Beaty, R.E., Kaufman, S.B., Benedek, M., Jung, R.E., Kenett, Y.N., Jauk, E., Neubauer, 
A.C., Silvia, P.J., 2016. Personality and complex brain networks: the role of openness to 
experience in default network efficiency. Human brain mapping 37, 773-779. 
Beaty, R.E., Kenett, Y.N., Christensen, A.P., Rosenberg, M.D., Benedek, M., Chen, Q., Fink, 
A., Qiu, J., Kwapil, T.R., Kane, M.J., 2018. Robust prediction of individual creative ability 
from brain functional connectivity. Proceedings of the National Academy of Sciences, 
201713532. 
Boot, N., Baas, M., van Gaal, S., Cools, R., De Dreu, C.K., 2017. Creative Cognition and 
Dopaminergic Modulation of Fronto-striatal Networks: Integrative Review and Research 
Agenda. Neuroscience & Biobehavioral Reviews. 
Canli, T., 2008. Toward a neurogenetic theory of neuroticism. Annals of the New York 
Academy of Sciences 1129, 153-174. 
Cassandro, V.J., Simonton, D.K., 2010. Versatility, openness to experience, and topical 
diversity in creative products: An exploratory historiometric analysis of scientists, 
philosophers, and writers. The Journal of Creative Behavior 44, 9-26. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
28/32 
 
Chen, Q., Beaty, R.E., Wei, D., Yang, J., Sun, J., Liu, W., Yang, W., Zhang, Q., Qiu, J., 2016. 
Longitudinal Alterations of Frontoparietal and Frontotemporal Networks Predict Future 
Creative Cognitive Ability. Cerebral Cortex, 1-13. 
Chermahini, S.A., Hommel, B., 2010. The (b) link between creativity and dopamine: 
spontaneous eye blink rates predict and dissociate divergent and convergent thinking. 
Cognition 115, 458-465. 
Clark, R., DeYoung, C., 2014. Creativity and the aspects of neuroticism. Personality and 
Individual Differences 60, S54. 
Cohen, M.X., Young, J., Baek, J.-M., Kessler, C., Ranganath, C., 2005. Individual differences 
in extraversion and dopamine genetics predict neural reward responses. Cognitive Brain 
Research 25, 851-861. 
Csikszentmihalyi, M., 1996. Creativity: The work and lives of 91 eminent people. 
HarperCollins Publishers. 
De Fruyt, F., Van De Wiele, L., Van Heeringen, C., 2000. Cloninger's psychobiological model 
of temperament and character and the five-factor model of personality. Personality and 
individual differences 29, 441-452. 
De Manzano, Ö., Cervenka, S., Karabanov, A., Farde, L., Ullen, F., 2010. Thinking outside a 
less intact box: thalamic dopamine D2 receptor densities are negatively related to 
psychometric creativity in healthy individuals. PloS one 5, e10670. 
Depue, R.A., Collins, P.F., 1999a. Neurobiology of the structure of personality: Dopamine, 
facilitation of incentive motivation, and extraversion. Behavioral and brain sciences 22, 491-
517. 
Depue, R.A., Collins, P.F., 1999b. Neurobiology of the structure of personality: dopamine, 
facilitation of incentive motivation, and extraversion. Behav Brain Sci 22, 491-517; discussion 
518-469. 
Dweck, C.S., Chiu, C.-y., Hong, Y.-y., 1995a. Implicit theories and their role in judgments and 
reactions: A word from two perspectives. Psychological inquiry 6, 267-285. 
Dweck, C.S., Chiu, C.-y., Hong, Y.-y., 1995b. Implicit theories: Elaboration and extension of 
the model. Psychological inquiry 6, 322-333. 
FaustSocher, A., Kenett, Y.N., Cohen, O.S., HassinBaer, S., Inzelberg, R., 2014. 
Enhanced creative thinking under dopaminergic therapy in Parkinson disease. Annals of 
neurology 75, 935-942. 
Fischer, H., Wik, G., Fredrikson, M., 1997. Extraversion, neuroticism and brain function: A 
PET study of personality. Personality and individual differences 23, 345-352. 
Fürst, G., Grin, F., 2018. A comprehensive method for the measurement of everyday 
creativity. Thinking Skills and Creativity 28, 84-97. 
Gocłowska, M.A., Ritter, S.M., Elliot, A.J., Baas, M., 2018. Novelty seeking is linked to 
openness and extraversion, and can lead to greater creative performance. Journal of 
personality. 
Goldberg, L.R., 1992. The development of markers for the Big-Five factor structure. 
Psychological assessment 4, 26. 
Golimbet, V., Alfimova, M., Gritsenko, I., Ebstein, R., 2007. Relationship between dopamine 
system genes and extraversion and novelty seeking. Neuroscience and behavioral 
physiology 37, 601-606. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
29/32 
 
Gosling, S.D., Rentfrow, P.J., Swann, W.B., 2003. A very brief measure of the Big-Five 
personality domains. Journal of Research in Personality 37, 504-528. 
Halder, S., Roy, A., Chakraborty, P., 2017. The influence of personality traits on information 
seeking behaviour of students. Malaysian Journal of Library & Information Science 15, 41-53. 
Hao, N., Tang, M., Yang, J., Wang, Q., Runco, M.A., 2016. A New tool to measure 
malevolent creativity: The malevolent creativity behavior scale. Frontiers in psychology 7, 
682. 
Heilman, K.M., Nadeau, S.E., Beversdorf, D.O., 2003. Creative innovation: possible brain 
mechanisms. Neurocase 9, 369-379. 
Howes, O.D., McCutcheon, R., Owen, M.J., Murray, R.M., 2017. The role of genes, stress, 
and dopamine in the development of schizophrenia. Biological psychiatry 81, 9-20. 
Hughes, D.J., Furnham, A., Batey, M., 2013. The structure and personality predictors of self-
rated creativity. Thinking Skills and Creativity 9, 76-84. 
Jauk, E., Benedek, M., Dunst, B., Neubauer, A.C., 2013. The relationship between 
intelligence and creativity: New support for the threshold hypothesis by means of empirical 
breakpoint detection. Intelligence 41, 212-221. 
Kizilirmak, J.M., Thuerich, H., Folta-Schoofs, K., Schott, B.H., Richardson-Klavehn, A., 2016. 
Neural correlates of learning from induced insight: a case for reward-based episodic 
encoding. Frontiers in psychology 7. 
Lhommée, E., Batir, A., Quesada, J.-L., Ardouin, C., Fraix, V., Seigneuret, E., Chabardès, S., 
Benabid, A.-L., Pollak, P., Krack, P., 2014. Dopamine and the biology of creativity: lessons 
from Parkinson’s disease. Frontiers in neurology 5, 55. 
Lhommée, E., Boyer, F., Wack, M., Pélissier, P., Klinger, H., Schmitt, E., Bichon, A., Fraix, 
V., Chabardès, S., Mertens, P., 2017. Personality, dopamine, and Parkinson's disease: 
Insights from subthalamic stimulation. Movement Disorders 32, 1191-1200. 
Li, W., Li, X., Huang, L., Kong, X., Yang, W., Wei, D., Li, J., Cheng, H., Zhang, Q., Qiu, J., 
Liu, J., 2015. Brain structure links trait creativity to openness to experience. Soc Cogn Affect 
Neurosci 10, 191-198. 
Liu, Z., Zhang, J., Xie, X., Rolls, E.T., Sun, J., Zhang, K., Jiao, Z., Chen, Q., Zhang, J., Qiu, 
J., 2018. Neural and genetic determinants of creativity. NeuroImage 174, 164-176. 
Lubart, T.I., Sternberg, R.J., 1995. An investment approach to creativity: Theory and data. 
The creative cognition approach, 269-302. 
Mayseless, N., Uzefovsky, F., Shalev, I., Ebstein, R.P., Shamay-Tsoory, S.G., 2013. The 
association between creativity and 7R polymorphism in the dopamine receptor D4 gene 
(DRD4). Frontiers in human neuroscience 7, 502. 
McCrea, L., 2000. The Hierarchical Organization of Language in Mīmāmsā Interpretive 
Theory. Journal of Indian Philosophy 28, 429-459. 
Mednick, S.A., 1962. The associative basis of the creative process. Psych Rev 69, 220-232. 
Mednick, S.A., Mednick, M.T., 1967. Examiner's manual: Remote Associates Test. Houghton 
Mifflin, Boston. 
Milivojevic, B., Vicente-Grabovetsky, A., Doeller, C.F., 2015. Insight reconfigures 
hippocampal-prefrontal memories. Current biology 25, 821-830. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
30/32 
 
Moeller, S., Yacoub, E., Olman, C.A., Auerbach, E., Strupp, J., Harel, N., Uğurbil, K., 2010. 
Multiband multislice GEEPI at 7 tesla, with 16fold acceleration using partial parallel 
imaging with application to high spatial and temporal wholebrain fMRI. Magn Reson Med 
63, 1144-1153. 
Murphy, M., Runco, M.A., Acar, S., Reiter-Palmon, R., 2013. Reanalysis of genetic data and 
rethinking dopamine's relationship with creativity. Creativity Research Journal 25, 147-148. 
Myers, C.A., Wang, C., Black, J.M., Bugescu, N., Hoeft, F., 2016. The matter of motivation: 
Striatal resting-state connectivity is dissociable between grit and growth mindset. Social 
cognitive and affective neuroscience 11, 1521-1527. 
Nakaya, M., Oshio, A., Kaneko, H., 2006. Correlations for Adolescent Resilience Scale with 
big five personality traits. Psychological reports 98, 927-930. 
Panksepp, J., 1999. The affiliative playfulness and impulsivity of extraverts may not be 
dopaminergically mediated. Behavioral and Brain Sciences 22, 533-+. 
Perkins, A.M., Arnone, D., Smallwood, J., Mobbs, D., 2015. Thinking too much: self-
generated thought as the engine of neuroticism. Trends in cognitive sciences 19, 492-498. 
Peterson, J.B., Smith, K.W., Carson, S., 2002. Openness and extraversion are associated 
with reduced latent inhibition: Replication and commentary. Personality and Individual 
Differences 33, 1137-1147. 
Politis, J., Houtz, J.C., 2015. Effects of Positive Mood on Generative and Evaluative Thinking 
in Creative Problem Solving. SAGE Open 5, 2158244015592679. 
Power, J.D., Barnes, K.A., Snyder, A.Z., Schlaggar, B.L., Petersen, S.E., 2012. Spurious but 
systematic correlations in functional connectivity MRI networks arise from subject motion. 
Neuroimage 59, 2142-2154. 
Power, R.A., Steinberg, S., Bjornsdottir, G., Rietveld, C.A., Abdellaoui, A., Nivard, M.M., 
Johannesson, M., Galesloot, T.E., Hottenga, J.J., Willemsen, G., 2015. Polygenic risk scores 
for schizophrenia and bipolar disorder predict creativity. Nature neuroscience 18, 953. 
Prabhu, V., Sutton, C., Sauser, W., 2008. Creativity and certain personality traits: 
Understanding the mediating effect of intrinsic motivation. Creativity Research Journal 20, 
53-66. 
Rammsayer, T.H., 1998. Extraversion and dopamine: Individual differences in response to 
changes in dopaminergic activity as a possible biological basis of extraversion. European 
Psychologist 3, 37-50. 
Reuter, M., Roth, S., Holve, K., Hennig, J., 2006. Identification of first candidate genes for 
creativity: a pilot study. Brain research 1069, 190-197. 
Robinson, S., Windischberger, C., Rauscher, A., Moser, E., 2004. Optimized 3 T EPI of the 
amygdalae. Neuroimage 22, 203-210. 
Runco, M.A., Noble, E.P., Reiter-Palmon, R., Acar, S., Ritchie, T., Yurkovich, J.M., 2011. 
The genetic basis of creativity and ideational fluency. Creativity Research Journal 23, 376-
380. 
Runco, M.A., Plucker, J.A., Lim, W., 2001. Development and psychometric integrity of a 
measure of ideational behavior. Creativity Research Journal 13, 393-400. 
Salvi, C., Bricolo, E., Franconeri, S.L., Kounios, J., Beeman, M., 2015. Sudden insight is 
associated with shutting out visual inputs. Psychonomic bulletin & review 22, 1814-1819. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
31/32 
 
Shen, W., Tong, Y., Li, F., Yuan, Y., Hommel, B., Liu, C., Luo, J., 2018. Tracking the 
neurodynamics of insight: A meta-analysis of neuroimaging studies. Biological psychology. 
Shen, W., Yuan, Y., Liu, C., Luo, J., 2016. In search of the ‘Aha!’experience: Elucidating the 
emotionality of insight problemsolving. British Journal of Psychology 107, 281-298. 
Singh, T.K., Kaushik, S., 2015a. A Study of Creativity In Relation To Big 5 Personality Traits. 
The International Journal of Indian Psychology 3, 124-128. 
Singh, T.K., Kaushik, S., 2015b. A Study of Creativity In Relation To Big 5 Personality Traits. 
Sladky, R., Baldinger, P., Kranz, G.S., Tröstl, J., Höflich, A., Lanzenberger, R., Moser, E., 
Windischberger, C., 2013. High-resolution functional MRI of the human amygdala at 7 T. 
European journal of radiology 82, 728-733. 
Sladky, R., Friston, K.J., Trostl, J., Cunnington, R., Moser, E., Windischberger, C., 2011. 
Slice-timing effects and their correction in functional MRI. Neuroimage 58, 588-594. 
Sladky, R., Geissberger, N., Pfabigan, D.M., Kraus, C., Tik, M., Woletz, M., Paul, K., 
Vanicek, T., Auer, B., Kranz, G.S., 2018. Unsmoothed functional MRI of the human 
amygdala and bed nucleus of the stria terminalis during processing of emotional faces. 
Neuroimage 168, 383-391. 
Smallwood, J., Schooler, J.W., 2015. The science of mind wandering: empirically navigating 
the stream of consciousness. Annual review of psychology 66, 487-518. 
Sternberg, R.J., Davidson, J.E., 1995. The nature of insight. The MIT Press. 
Strobel, A., Wehr, A., Michel, A., Brocke, B., 1999. Association between the dopamine D4 
receptor (DRD4) exon III polymorphism and measures of Novelty Seeking in a German 
population. Molecular Psychiatry 4, 378. 
Suridjan, I., Boileau, I., Bagby, M., Rusjan, P.M., Wilson, A.A., Houle, S., Mizrahi, R., 2012. 
Dopamine response to psychosocial stress in humans and its relationship to individual 
differences in personality traits. Journal of psychiatric research 46, 890-897. 
Sweitzer, M.M., Kollins, S.H., Kozink, R.V., Hallyburton, M., English, J., Addicott, M.A., 
Oliver, J.A., McClernon, F.J., 2018. ADHD, Smoking Withdrawal, and Inhibitory Control: 
Results of a Neuroimaging Study with Methylphenidate Challenge. 
Neuropsychopharmacology 43, 851. 
Takeuchi, H., Taki, Y., Hashizume, H., Sassa, Y., Nagase, T., Nouchi, R., Kawashima, R., 
2011. Failing to deactivate: the association between brain activity during a working memory 
task and creativity. Neuroimage 55, 681-687. 
Takeuchi, H., Taki, Y., Hashizume, H., Sassa, Y., Nagase, T., Nouchi, R., Kawashima, R., 
2012. The Association between Resting Functional Connectivity and Creativity. Cerebral 
Cortex 22, 2921-2929. 
Takeuchi, H., Taki, Y., Sassa, Y., Hashizume, H., Sekiguchi, A., Fukushima, A., Kawashima, 
R., 2010. Regional gray matter volume of dopaminergic system associate with creativity: 
evidence from voxel-based morphometry. Neuroimage 51, 578-585. 
Tellegen, A., 1985. Structures of mood and personality and their relevance to assessing 
anxiety, with an emphasis on self-report. 
Thames, A.D., Foley, J.M., Wright, M.J., Panos, S.E., Ettenhofer, M., Ramezani, A., Streiff, 
V., El-Saden, S., Goodwin, S., Bookheimer, S.Y., 2012. Basal ganglia structures differentially 
contribute to verbal fluency: evidence from Human Immunodeficiency Virus (HIV)-infected 
adults. Neuropsychologia 50, 390-395. 
M
AN
US
CR
IP
T
 
AC
CE
PT
ED
ACCEPTED MANUSCRIPT
Schuler et al., NeuroImage Modulations in Resting State Networks of Subcortical Structures linked to Creativity 
32/32 
 
Tik, M., Sladky, R., Luft, C.D.B., Willinger, D., Hoffmann, A., Banissy, M.J., Bhattacharya, J., 
Windischberger, C., 2018. Ultrahighfield fMRI insights on insight: Neural correlates of the 
Aha!moment. Human brain mapping. 
Tochigi, M., Hibino, H., Otowa, T., Kato, C., Marui, T., Ohtani, T., Umekage, T., Kato, N., 
Sasaki, T., 2006. Association between dopamine D4 receptor (DRD4) exon III polymorphism 
and neuroticism in the Japanese population. Neuroscience Letters 398, 333-336. 
Topolinski, S., Reber, R., 2010. Gaining insight into the “Aha” experience. Current Directions 
in Psychological Science 19, 402-405. 
Turkalo, D.M., 1996. Creativity: The work and lives of 91 eminent people - 
Csikszentmihalyi,M. Library Journal 121, 80-80. 
Uğurbil, K., 2014. Magnetic resonance imaging at ultrahigh fields. IEEE Transactions on 
Biomedical Engineering 61, 1364-1379. 
Wacker, J., Chavanon, M.-L., Stemmler, G., 2006. Investigating the dopaminergic basis of 
extraversion in humans: A multilevel approach. Journal of Personality and Social Psychology 
91, 171. 
Webb, M.E., Little, D.R., Cropper, S.J., 2017. Once more with feeling: Normative data for the 
aha experience in insight and noninsight problems. Behavior research methods, 1-22. 
Wei, D., Yang, J., Li, W., Wang, K., Zhang, Q., Qiu, J., 2014. Increased resting functional 
connectivity of the medial prefrontal cortex in creativity by means of cognitive stimulation. 
Cortex 51, 92-102. 
Welsh, G.S., 1975. Creativity and intelligence: A personality approach. Institute for Research 
in Social Science, University of North Carolina at …. 
Willeit, M., Popovic, A., Bartova, L., Sauerzopf, U., Bauer, M., Praschak-Rieder, N., 2016. In 
Vivo Imaging of Dopamine Metabolism and Dopamine Transporter Function in the Human 
Brain. Neurotransmitter Transporters. Springer, pp. 203-220. 
Windischberger, C., Robinson, S., Rauscher, A., Barth, M., Moser, E., 2004. Robust field 
map generation using a tripleecho acquisition. Journal of Magnetic Resonance Imaging: An 
Official Journal of the International Society for Magnetic Resonance in Medicine 20, 730-734. 
Young, C., Chen, T., Nusslock, R., Keller, J., Schatzberg, A., Menon, V., 2016. Anhedonia 
and general distress show dissociable ventromedial prefrontal cortex connectivity in major 
depressive disorder. Translational psychiatry 6, e810. 
Zabelina, D.L., Colzato, L., Beeman, M., Hommel, B., 2016. Dopamine and the creative 
mind: individual differences in creativity are predicted by interactions between dopamine 
genes DAT and COMT. PloS one 11, e0146768. 
 
